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Available online xxxxPressure on deep-sea ecosystems continues to increase as anthropogenic activitiesmove into ever deeperwaters. To
mitigate impacts on vulnerable habitats, various conservation measures exist, such as the designation of Marine
Protected Areas (MPAs). So far, however, little evidence is available about their effectiveness. This paper presents
a unique follow-up study assessing the status and recovery of a deep-sea ﬁsheries closure and MPA at ~1000 m
water depth in the NE Atlantic, eight years after designation. The Darwin Mounds cold-water coral ecosystem
was discovered in 1998, and closed to all bottom contact ﬁsheries, especially trawling, in 2003. Our repeat survey
in 2011 used both high-resolution sidescan sonar data collected by Autonomous Underwater Vehicle (AUV) and
video footage from a Remotely Operated Vehicle (ROV) to evaluate recovery. The results demonstrate that (1) pro-
tectionwas successful andﬁshing impactwas largely avoided in theWesternDarwinMounds,which contained sim-
ilar proportions of live cold-water coral occurrence in 2011 as observed in 1998–2000; however (2) the Eastern
DarwinMounds suffered severe damage pre-closure, and by 2011 showed no coral recolonisation and very little re-
growth. These results are further evidence for the low resilience and slow recoverypotential of deep-sea ecosystems,
and underline once again the importance of the precautionary principle in deep-sea conservation.
© 2016 The Authors. Published by Elsevier Ltd. This is an open access article under the CC BY license
(http://creativecommons.org/licenses/by/4.0/).Keywords:
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1.1. Context: cold-water corals, bottom trawling and the effectiveness of
conservation measures
Over the last decade, increasing evidence of the environmental im-
pacts of deep-water demersal ﬁsheries, especially bottom trawling
(e.g. Benn et al., 2010; Puig et al., 2012; Pusceddu et al., 2014), has re-
sulted in the development of several national and international policies
to protect deep-sea vulnerable marine ecosystems (VMEs). The process
is largely driven by international agreements and directives, such as the
United Nations General Assembly resolutions 61/105 and 64/72 on sus-
tainable ﬁsheries (UNGA, 2006, 2009), or the EC Habitats Directive,
which as a result of the so-called ‘Greenpeace judgement’was explicitly
deemed applicable not only to coastal waters, but also to Member
States' 200 nm Exclusive Economic Zones (De Santo, 2013). To imple-
ment the conservation policies, increasingnumbers ofﬁsheries closures,
deep-waterMarine Protected Areas (MPAs),MPAnetworks, and Special
Areas of Conservation (SACs) are being designated, also in offshore wa-
ters. So far, however, limited evidence exists about their effectiveness,
especially on the longer term. It remains a question how well deep-. This is an open access article undersea ecosystems recover, and to what extent conservation strategies for
shallow-water settings need to be adapted for deep-water application.
Cold-water corals, the azooxanthellate species of scleractinian,
antipatharian, gorgonian and stylasterid coral that are not restricted to
the photic zone, are important habitat-forming organisms in the deep
sea (e.g. Rogers, 1999; Roberts et al., 2009). They are among the VMEs
that require protection (UNGA, 2006; FAO, 2009), while reef habitats,
including deep-water reefs, are protected under Annex I of the EC Hab-
itats Directive. They create habitat complexity in otherwise (apparent-
ly) homogeneous, sedimented environments, resulting in an increased
biodiversity (Henry and Roberts, 2007; Bongiorni et al., 2010). In addi-
tion, cold-water coral reefs may act as nursery grounds and adult habi-
tat for commercial ﬁsh species (e.g. Costello et al., 2005; Söffker et al.,
2011; Baillon et al., 2012).
However, deep-water bottom trawling is particularly destructive for
cold-water coral reefs, which are relatively fragile and slow-growing
(Hall-Spencer et al., 2002). The technique has been compared to forest
clear-cutting (Watling and Norse, 1998), and the effects on cold-water
corals have been reported from several locations (e.g. coral gardens
along the Aleutian Islands (Shester and Ayers, 2005; Heifetz et al.,
2009); Oculina reefs offshore Florida (Reed et al., 2007); stony coral
habitat on seamounts offshore New Zealand and Australia (Williams
et al., 2010)). Fosså et al. (2002) estimated that between 30 and 50%
of Lophelia reefs offshore Norway were impacted by bottom trawling.the CC BY license (http://creativecommons.org/licenses/by/4.0/).
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sity loss, community changes (Althaus et al., 2009) and coral smother-
ing by resuspended sediment (Larsson and Purser, 2011).
In several cases, these observations have triggered conservation
measures, often based on temporary or permanent area closures. The
restrictions may apply to either bottom trawling only, or to all bottom
contact gear. Although in general these closures seem fairly well
respected (e.g. Armstrong and van den Hove, 2008), and in some
cases are even developed by the ﬁshing industry itself (e.g. Benthic Pro-
tection Areas offshore New Zealand; Helson et al. (2010)), so far there is
little information about recovery rates of the coral ecosystems. In the
few cases where follow-up surveys have been carried out, trawling im-
pacts seem to persist for over a decade, and recovery is slow (e.g. in the
Oculina reefs offshore Florida, protected for 15 years (Reed et al., 2007);
in the Solenosmilia reefs offshore Australia and New Zealand, protected
for 5–10 years (Althaus et al., 2009; Williams et al., 2010); or based on
modelling studies for a wide range of sponge and coral species around
the Aleutian Islands, Alaska (Rooper et al., 2011)). In order to support
further policy development and the continued sustainablemanagement
of the deep ocean, there is an urgent need for more information on the
effectiveness of conservation measures in the deep sea, and the recov-
ery rates of deep-sea habitats. So far no long-term studies (~10 years)
have been published from the NE Atlantic, where Lophelia pertusa and
Madrepora oculata are the main reef framework building species. This
paper describes the situation in the Darwin Mounds, an area of small
cold-water coral mounds protected from bottom trawling since 2003.
A repeat survey in 2011 provided the unique opportunity to evaluate
the status of the cold-water coral habitat after eight years of protection,
and gave insight in the recovery potential of a deep-water VME.
1.2. Darwin Mounds
The Darwin Mounds are a ﬁeld of small cold-water coral mounds,
each up to 75 m across and 5 m high, found at about 1000 m waterFig. 1. Location map of the Darwin Mound ﬁsheries closure and Marine Protected Area in the
digitised from ancillary sidescan sonar data (after Huvenne et al., 2009a). Grey boxes outline tdepth in the northern Rockall Trough, west of Scotland (Fig. 1). They
were discovered in 1998 (Masson and Jacobs, 1999; Bett, 2001). Subse-
quent ground-truthing with high-resolution sidescan sonar and video
conﬁrmed the mounds were covered with cold-water corals, while re-
cently recovered piston cores demonstrated that a dense framework
of fossil coral fragments could also be found within the mounds
(Victorero et al., 2015). The main framework-forming species are
Lophelia pertusa L. andMadrepora oculata L. (Masson et al., 2003), occur-
ring together with, among others, soft corals, sponges, tube-forming
polychaetes, squat lobsters and echiuran worms (Kiriakoulakis et al.,
2004; Howell et al., 2014). In the surrounding areas, and especially in
the scoured ‘tail’ features (Masson et al., 2003), high numbers of the
giant single-celled organism Syringammina fragilissima have been re-
ported (Xenophyophores: Gooday and Tendal, 2000; Hughes and
Gooday, 2004).
The high-resolution sidescan sonar and video data also illustrated
heavy impacts from bottom trawling (Wheeler et al., 2005). These ob-
servations, together with the fact that at the time of discovery, the Dar-
win Mounds were the only example of Lophelia growing on sandy
rather than rocky substrata, were the main drivers behind the develop-
ment of a conservation policy. This started with an emergency closure
under the EU Common Fisheries Policy (CFP) in August 2003, that was
made permanent in March 2004 (De Santo and Jones, 2007). The Dar-
win Mounds became the ﬁrst offshore MPA for the UK (De Santo,
2013), and were also designated as Special Area of Conservation under
the EC Habitats Directive in December 2015 (JNCC, 2015). The imple-
mentation of these protection measures is being managed by the UK's
Joint Nature Conservation Committee (JNCC) and Marine Scotland.
Since the initial discovery and surveys in 1998–2000, no further sci-
entiﬁc surveys had been carried out in this area until May 2011, and the
status of the mound province and the effect of the protection measures
were unknown. A study by Davies et al. (2007) based on Vessel Moni-
toring System (VMS) data indicated an increase in vessel activity in
the area just before the closure was put in place. This could have beenNorthern Rockall Trough. Locations of all Darwin Mounds in the area (solid dots) were
he locations of Fig. 3.
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detrimental effect on the ecosystem just prior to its protection. Hence a
new survey was carried out in 2011, with the aim of comparing the sit-
uation with the conditions reported in 1998–2000 in terms of coral
cover and trawling intensity.
2. Data collection and analyses
2.1. Datasets
The comparative exercise presented here is based on data collected
during cruises RRS Charles Darwin 112, 119 and 123 in 1998–2000
(video data, Bett, 1999; Bett, 2007; Bett and Jacobs, 2007), RRS Discov-
ery 248 in 2000 (high-resolution sidescan sonar data, Bett et al., 2001;
Wheeler et al., 2005), and RRS James Cook 60 in 2011 (high-resolution
sidescan data, video and stills imagery, Huvenne, 2011). During JC060,
the Autonomous Underwater Vehicle (AUV) Autosub6000 (Huvenne
et al., 2009a) was deployed to collect high-resolution geophysical data
close to the seabed. Based on the 1998–2000 data, three main clusters
of Darwin Mounds were identiﬁed (Huvenne et al., 2009b), of which
the eastern and western clusters formed the main focus for the survey
in 2011 (Fig. 1). All data and spatial information were combined within
a Geographical Information System (GIS), using ArcGIS v10.
2.2. Sidescan sonar mapping
High-resolution sidescan sonar surveys were carried out in 2000
(100 and 410 kHz; Wheeler et al., 2005) by towing a Geo-Acoustics
dual frequency system at ~25 to ~10m above the seabed. For the repeat
surveys, a dual frequency (120 and 410 kHz) EdgeTech FS2200 sidescan
sonar was integrated into Autosub6000, and operated at ~15m (for the
410 kHz) above the seabed. All high-resolution sidescan datawere proc-
essed with the NOC in-house software package PRISM (Le Bas and
Huvenne, 2009) to a pixel size of 0.5 m × 0.5 m (Geo-Acoustics) or
0.2m× 0.2m (EdgeTech). The AUV, using an inertial navigation system,
a Doppler Velocity Log and a unique ‘range-only’method for the deter-
mination of its initial position (Huvenne et al., 2009a), had a signiﬁcant-
ly higher positional accuracy than the towed GeoAcoustics system,
whose navigation was based on lay-back calculations using the ship's
position and the length of cable deployed. Hence the 2000 sidescan
data were repositioned with regard to the 2011 data, using common
features as tie-points in a georeferencing exercise within ArcGIS.
2.3. Video and photography of the seabed
Initial video data were collected in 1998–2000 with theWASP vehi-
cle (‘Wide-Angle Seafoor Photography’) of the National Oceanography
Centre (Bett et al., 2001). The system was towed behind the ship and
had limitednavigation accuracy,whichwasbased on the ship's position.
It was equipped with a downward-looking digital colour video camera.
Transects covered ca. 3950 m in total in the Western Darwin Mounds,
and 3580 m in the Eastern Darwin Mounds. The ﬁeld of view was vari-
able as a result of heave (verticalmotions of theWASP vehicle); sections
where seabed visibility was poor (due to turbidity or high altitude)
were excluded from the analysis.
During the repeat survey in 2011, a commercial inspection-class
ROV was used (SeaEye Lynx Remotely Operated Vehicle), equipped
with a Kongsberg OE14-366 colour zoom and a Kongsberg OE14-208
digital stills camera, the latter carrying parallel lasers for scale (0.1 m
apart). The ROV was positioned by USBL technology (Ultra Short Base
Line). Four dives were carried out in the Eastern Darwin Mounds
(total length: 6800 m), and three in the Western Darwin Mounds
(6750 m). The ﬁeld of view was kept constant as much as possible,
with an average width of 1.5 m. Photographs were taken at 30 s
intervals.Given the large uncertainty in navigational positioning of the WASP
vehicle (relative to the physical scale of individual mounds), it was im-
possible to deﬁnitively repeat the original 1998–2000 video transects.
Instead, entirely new transects were chosen in 2011, within the bound-
ary of the AUV sidescan sonar surveys. They consisted of a series of ran-
domly positioned and oriented 100 m sections, connected into a
number of transects which each could be completed within a 12-hour
ROVdive. In effect, both in 1998–2000 and in 2011, a number ofmounds
were randomly surveyed, with randomisation formally achieved in the
2011 survey, and effectively achieved in the 1998–2000 surveys (as the
uncertainty in location of both the mounds and the WASP vehicle
exceeded the physical scale of a mound, while the camera tow direction
was determined by variable wind, sea, and current conditions).
The video data were classiﬁed into six seabed facies, allowing calcu-
lation of the distance travelled over each. The ROV-based video data
from 2011 are of sufﬁcient quality to be analysed for epibenthic mega-
fauna species composition (Howell et al., 2014), but this level of detail
could not be obtained from the old 1998–2000 video data, hence the
analysis was limited to facies. The facies represent the main seabed
types with relevance for sidescan sonar interpretation (acoustic reﬂec-
tivity) and for conservation issues. They include (Fig. 2): (1) sand,
(2) sand with pebbles, (3) sand with xenophyophores, (4) widely
scattered coral fragments, (5) (sediment clogged) coral rubble, (6) live
Lophelia or Madrepora. Facies 6 was attributed as soon as some live
polyps were visible. As a result of video quality and the constantly
changing ﬁeld of view for the 1998–2000 data (due to the vertical mo-
tions of theWASP vehicle), no attempt to quantify the percentage of live
coral was made. Erect but dead coral framework was not encountered,
except for a short section (11 m) in transect WASP55254, which was
classiﬁed under facies 5.
2.4. Pre- vs. post-closure comparison
Trawl door scars could be clearly identiﬁed on 410 kHz sidescan
sonar data, and were digitised on both the 2000 and 2011 maps.
Where the marks of both trawl doors could be identiﬁed as a pair
(based on an average distance of 100–150 m and on the net marks
found in between), the event was counted as the passage of one trawl
(Supp. Fig. 1). Trawl marks were quantiﬁed both in number and length
per unit area of sidescan sonar data.
The CFP emergency closure, MPA and later SAC were speciﬁcally de-
signed to protect the cold-water corals and their reef-forming potential.
To evaluate the coral status before and after, the two video datasets
were used to quantify the proportion of distance travelled over live
coral versus the distance travelled over all framework coral (live and
rubble, but not thinly scattered coral fragments). This approach com-
pensates for variations in survey speed and for the different fractal di-
mension and resolution of the navigation in the 1998–2000 vs. 2011
data. The analysis was limited to video transects that were approxi-
mately straight, i.e. sections where the ROV was used to circle around
features of interest were omitted.
On the basis that framework corals are largely restricted to ‘mound’
features (identiﬁable and deﬁned by acoustic mapping), ‘mounds’were
chosen as a practical sampling unit, and the video transects were divid-
ed into segments, each containing one mound. Sampling units (video
segments) were divided into four groups based on time (pre-closure
vs. 2011 post-closure observations) and geographic location (Western
DarwinMounds vs. Eastern Darwin Mounds). The Eastern andWestern
Mounds are spatially distinct, distinct in terms of water depth (approx.
950 vs. 1050 m), and appear to be distinct in general character (e.g.
Wheeler et al., 2008). We have limited our statistical analyses to one-
way non-parametric assessments, to acknowledge the ad hoc unbal-
anced nature of the experimental design and the likely non-normality
and heteroscedasticity of the test statistic. All statistical manipulations
were carried out as standard features in the software package Minitab
(16.2.4; Minitab Inc.).
Fig. 2. Example photographs of the six seabed facies identiﬁed throughout the 1998–2000 and 2011 video data: (a) sand, (b) sand with pebbles, (c) sandwith xenophyophores, (d) coral
rubble, (e) scattered coral fragments, (f) live coral— as found in theWesternDarwinMounds, including both Lophelia pertusa andMadrepora oculata, (g) live coral— as found in the Eastern
Darwin Mounds (note plastic litter between dead coral frameworks). In addition: (h) example of coral regrowth in the Eastern Darwin Mounds (coral colony that was disturbed but
remained alive). Red laser marks are 0.1 m apart.
63V.A.I. Huvenne et al. / Biological Conservation 200 (2016) 60–693. Results
3.1. Pre- and post-closure trawl mark density
The analysis of the high-resolution sidescan sonar data indicated
that a signiﬁcant reduction in trawling intensity took place between
2000 and 2011 (Fig. 3, Table 1). The reduction was particularly marked
in the Eastern DarwinMounds, the areamost heavily impacted in 2000.
None of the trawl marks identiﬁed in the 2000 dataset could be identi-
ﬁed in the maps from 2011 (Fig. 3, Suppl. Fig. 1). The two pairs of scarsrecorded in the 2011 data of the Western Darwin Mounds, however,
suggest that some violation of the ﬁsheries closure had occurred (Fig. 3).
The sidescan sonar signatures of the Eastern andWestern areaswere
appreciably different. The Western Mounds were more sharply delin-
eated against the more homogeneous, low-backscatter background, in
which the scouring tails were clearly developed (Fig. 4a). In several
cases the same individual coral colonies appeared to be present in
both 1998–2000 and 2011 datasets, suggesting temporal stability of
the mounds and their coral populations (Supp. Fig. 2). Areas with high
backscatter intensity and heterogeneity were interpreted as live coral
Fig. 3. Outlines of the pre- and post-closure sidescan sonar acoustic surveys and digitised trawl marks in the Eastern (a) andWestern (b) DarwinMound ﬁelds. Locations of Suppl. Figs. 1
and 2 are also indicated.
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covered the same areas of the mounds in both 2000 and 2011 maps.
This would indicate that additional trawling damage in the period
2000–2011 was limited, but also that no signiﬁcant spatial expansion
of live coral cover had occurred.
The Eastern Darwin Mounds were more elongated, with less well
deﬁned outlines (Fig. 4b). The background sediment had a higher back-
scatter strength, and its image texture wasmore grainy (Wheeler et al.,
2008). This could be attributed to an overall difference in sediment
composition, and therefore presumed current regime, between the
two areas, with the Eastern Darwin Mounds characterised by stronger
currents and coarser sediments (Masson et al., 2003; Huvenne et al.,
2009b).3.2.Mound character: the difference between the Eastern andWestern Dar-
win Mounds
The facies classiﬁcation of the video data suggested a clear difference
between the Eastern and Western Darwin Mounds in terms of facies
spatial distribution (Fig. 4). As observed on the sidescan sonar maps,
mounds in theWesternﬁeldweremore clearly delineated,with sharper
boundaries between coral framework and background sands. Most of
the live coral observed seemed to occur on the edges of the mounds,
while the centres were mainly covered in coral rubble (Supp. Fig. 2).
Xenophyophores were much more wide-spread in the Eastern Dar-
win Mound area than in theWestern part, where they only occurred in
the scoured tails. Again, these observations may be related to the
Table 1
Trawl mark occurrence assessed from sidescan sonar surveys conducted in the Eastern
and Western Darwin Mounds. Data are presented for the total areas surveyed in 2000
and 2011 respectively, and separately for the seaﬂoor area common to the surveys in both
years. An apparent reduction in trawl mark observations is calculated based on the com-
bined assessment of both ﬁelds.
Abundance (marks/km2) Density (m/km2)
Total
survey
Common
area
Total
survey
Common
area
2000 2011 2000 2011 2000 2011 2000 2011
Eastern ﬁeld 19 0.4 21.1 0 5994 543 5789 0
Western ﬁeld 3.8 0.2 2.2 1.1 1277 294 511 300
Both ﬁelds 10.3 0.3 7.2 0.8 3294 426 1899 221
Apparent reduction
2000–2011
97% 89% 87% 88%
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tween the two areas.Fig. 4. Seabed facies identiﬁcation in relation to sidescan sonar interpretation. (a) Example side
tones represent low backscatter (soft substrata), lighter tones correspond to high backscatter (h
of an Eastern Darwin Mound, with indication of ROV video transect. Mound location is indicat
interpretation of ROV video transect presented in (b); (e) sidescan sonar interpretation of
position of the 1998–2000 WASP and the 2011 ROV video tracks; (f) sidescan sonar interpreta
the position of the 1998–2000 and the 2011 video tracks.3.3. Pre- and post-closure live coral occurrence
In the 2011 video data of the EasternMounds,minimal live coralwas
observed. With the exception of a few small live colonies (Fig. 2g), the
mounds were covered with coral rubble and dead coral fragments. In
marked contrast, substantial live coral occurrence, including larger col-
onies (up to 50 cm tall), was recorded in the Western Darwin Mounds
(Fig. 2f), reaching proportions comparable to those recorded in the
1998–2000 dataset for both areas. This impression was supported by
our statistical analysis (Fig. 5). A global test of variation on the parame-
ter ‘proportion of live coral’, was carried out using Mood's median test
(as described in Siegel and Castellan, 1988). The result indicated a high-
ly signiﬁcant difference (p b 0.0005; χ2 = 31.22) in the proportion of
live coral cover between the four groups tested (pre- and post-closure,
both in the Eastern and Western Mounds). To identify which of the
four groups were signiﬁcantly different, pair-wise comparisons were
carried out using the Mann-Whitney test (Siegel and Castellan, 1988).
This provided highly signiﬁcant differences (p b 0.0001) between thescan sonar image of aWestern DarwinMound, with indication of ROV video transect. Dark
ardmaterials). Mound location is indicated in panel (e); (b) example sidescan sonar image
ed in panel (f); (c) facies interpretation of ROV video transect presented in (a); (d) facies
the Western Darwin Mound ﬁeld, illustrating the outline of identiﬁed mounds and the
tion of the Eastern Darwin Mound ﬁeld, illustrating the outline of identiﬁed mounds and
Fig. 5. Estimatedmedian (pseudomedian) and approximate 95% conﬁdence interval of the
proportion live coral cover statistic. The conﬁdence intervals (level achieved: 94.1–95.1%)
were calculated using a Wilcoxon signed rank method (Bauer, 1972). All pair-wise
comparisons (Mann-Whitney test; Siegel and Castellan, 1988) with E-post were
signiﬁcant (p b 0.001), all other pairs were non-signiﬁcant (p N 0.05). (W, Western
Darwin Mounds; E, Eastern Darwin Mounds; pre, 1998–2000 dataset; post, 2011 dataset.
66 V.A.I. Huvenne et al. / Biological Conservation 200 (2016) 60–69Eastern DarwinMounds post-closure group (median= 0%) and each of
the other groups (medians ranging from 45.2 to 55.0%), but no signiﬁ-
cant differences in all other comparisons (Fig. 5). A simple, conservative,
Bonferroni correction would suggest that the signiﬁcant results in these
multiple comparisons could be relied upon at the 0.1% level (i.e.
p b 0.001; see e.g. Rice, 1989).
In addition, the 2011 video data provided no evidence of coral
recolonisation from larval settlement, and only a few cases of potential
coral regrowth (i.e. where corals had been disturbed, but continued to
grow, Fig. 2h).
4. Discussion
4.1. Compliance
The strong reduction in trawl mark density from 2000 to 2011 indi-
cates that in general, the ﬁshing community complies with the closure
and the MPA designation. Similar compliance has been described from
other areas, e.g. Norway (Armstrong and van den Hove, 2008). Howev-
er, such positive results are not always achieved (e.g. offshore Florida
(Reed et al., 2007)). Deep-water protected areas are difﬁcult to enforce
because of their remoteness and extent (Pala, 2013). Even in theDarwin
Mounds, some violation of the closure did occur, as illustrated by the
two pairs of trawl marks found in the 2011 data. Unfortunately, no
VMS datawere available for this study, whichmakes it difﬁcult to deter-
mine how old thosemarksmight be, and how often potential violations
might have occurred. Information on the longevity of trawl scars in dif-
ferent sedimentary settings is scarce. Apart from bioturbation and sedi-
mentation, sediment transport by bottom currents is the main process
causing trawl marks to fade over time (Schwinghamer et al., 1998).
Studies of sidescan sonar data in shallow-water environments have
shown thatmost trawl scars fade after 6 to 18months, with greater lon-
gevity in ﬁner-grained sediments and low-energy environments
(Schwinghamer et al., 1998; Tuck et al., 1998). Records of a benthic
storm in the Eastern Darwin Mounds illustrated that currents of
30 cm s−1 or more, capable of completely remodelling the sandy
bedform ﬁeld, are not uncommon in the area (Masson et al., 2003;
Huvenne et al., 2009b).While deep-water trawling gearmay be heavier
than shallow-water otter trawls, creating deeper trawl marks that may
needmore time to fade,we suspect that the trawlmarks observed in the
2011 dataset were unlikely to be older than 1–2 years. The comparisonof high-resolution sidescan sonar records from 2000 and 2011 demon-
strated that trawl marks were at least undetectable after 11 years,
using these acoustic techniques.
4.2. Proportion of live coral
Despite the overall difference between the Eastern and Western
Darwin Mound ﬁelds in terms of environmental characteristics (sedi-
ment grain size, current regime), the video analysis showed that the
proportion of live coral was not signiﬁcantly different between the
two areas in 1998–2000. An estimatedmedian of 45–55% could be con-
sidered as the ‘normal’ proportion of live coral occurrence for an average
Darwin mound. This is comparable to area calculations reported by
Mortensen et al. (1995) for Norwegian Lophelia reefs of similar diame-
ter. This proportion was still evident in the Western Darwin Mounds
in 2011, suggesting this area largely escaped trawling impacts post-
2000. The situation in the Eastern area, however, had completely
changed. Based on the VMS data published by Davies et al. (2007),
and our own observations discussed above, we can assume that the ini-
tial ﬁsheries closure and later MPA designation have been relatively
well respected. Hence, it appears that between the initial video surveys
in 1998–2000 and the emergency closure of the area in 2003, the East-
ern DarwinMoundswere heavily impacted, resulting in a severe reduc-
tion in the amount of live coral occurrence. TheVMSdata for themonths
leadingup to the closure (Davies et al., 2007) show that the Eastern Dar-
win Mounds were much more heavily trawled than the Western part.
This is also reﬂected in the 2000 sidescan sonar dataset, where trawl
mark density is much higher in the Eastern Darwin Mounds (Table 1).
Given this latter observation, it is remarkable that the proportion of
live coral occurrence in the 1998–2000 video data is similar in both
areas, and as high as ~45–50%. However, some of the later coral loss
may have been a result of delayed mortality following the physical dis-
turbance and destruction of erect coral framework caused by the
trawling. Studies in shallow-water reefs have shown that coral mortal-
ity can remain high ormay even increase for an extended period of time
(~years) after an event ofmechanical damage (e.g. hurricaneor cyclone,
Knowlton et al., 1981; Guillemot et al., 2010). The fragmentation, to
which especially branching coral types are susceptible, decreases the
three-dimensionality of the reef, making the remaining coral fragments
more sensitive to sediment smothering (Larsson and Purser, 2011), or
predator attacks (Becker et al., 2009). It also puts the coral polyps
under stress, causing vulnerability with regard to diseases. In high-
energy environments, small coral fragments may experience higher
levels of abrasion, or even mobility. This phenomenon has not yet
been studied (in situ) in cold-water coral reefs, but a similar effect
may have contributed to the very low amount of live coral in the Eastern
Darwin Mounds as observed in 2011.
4.3. Low resilience and recovery potential
Although the ﬁsheries closure and MPA were protecting the area
from further mechanical impacts, our observations in 2011 seem to in-
dicate that recovery wasminimal in the Eastern Darwin Mounds. So far
there were no signs of coral recolonisation, and regrowth was very lim-
ited. This is not entirely surprising, slow recovery of cold-water coral
ecosystems has been reported from other locations, e.g. seamounts off-
shore of Tasmania and New Zealand (Althaus et al., 2009; Williams
et al., 2010), and even shallow-water coral and sponge habitats may re-
quire more than 15 years to recover from trawling impacts (Sainsbury
et al., 1997). Based on numerical modelling, Rooper et al. (2011) esti-
mate that after a 67% reduction in cold-water coral biomass through
trawling, 34 years would be required for the ecosystem around the
Aleutian Islands to recover to ca 80% of its original biomass. Colonisation
of suitable substrata by Lophelia larvae does happen in thewider Rockall
area, and the resulting corals occasionally reach growth rates compara-
ble to those of tropical species. Gass and Roberts (2006) reported coral
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while a benthic lander in the Logachev mound province (SW Rockall
Trough) was covered in small polyps (b2 mm) after a one-year deploy-
ment (de Haas et al., 2002). However, such (re)colonisation does not ap-
pear to have taken place in the Eastern Darwin Mounds, and cold-water
corals are more often than not reported as slow-growing (Roberts et al.,
2009). It is also conceivable that, at the present day, the Darwin Mounds
maybe locatednear the limits of the environmental niche for Lophelia and
Madrepora. The limited genetic variation reported by Le Goff-Vitry et al.
(2004), compared to nine other sites along the European AtlanticMargin,
indicated that most of the corals at the Darwin Mounds were clones. The
authors suggested that thismight reﬂect low recruitment of sexually pro-
duced larvae and local colonisation via asexual reproduction. In addition,
Waller and Tyler (2005) noted Lophelia specimens from the Darwin
Mounds were entirely non-reproductive, consistent with the suggested
low production of larvae mentioned above. In contrast, radiocarbon dat-
ing of coral fragments from piston cores collected in 2011 in theWestern
Darwin Mounds demonstrated that cold-water coral growth was intense
between 10,000 and 8500 years ago, although it reduced between 8500
and 4000 years ago, and was minimal thereafter (Victorero et al., 2015).
Recent predictive habitat modelling that incorporated Darwin Mounds
coral occurrence data, predicted a low likelihood of Lophelia presence in
the area (Ross and Howell, 2013), suggesting that the present-day envi-
ronmental conditions in the Darwin Mounds area might be considered
unusual in supporting a Lophelia population. This may also play a part in
the observed slow recovery of the Eastern Darwin Mounds, and may
add to the vulnerability of the cold-water coral habitat in the area.
4.4. Deep-water MPA designation: the importance of the precautionary
principle
Although the coral growths on theDarwinMounds are no longer the
only exampleworld-wide of scleractinian coral reefs set within themo-
bile sediments of a sandy contourite – the Moira Mounds in the Porcu-
pine Seabight being another example (Foubert et al., 2011) – they
remain a rare example of their type, potentially hosting a benthic com-
munity distinct from other framework coral growths in the region, and
controlled by a speciﬁc set of benthic processes (Henry and Roberts,
2007; Howell et al., 2014). As described above, the low fecundity, high
susceptibility to fragmentation, associated delayed mortality, and the
present-day environmental conditions which may be sub-optimal for
the framework-building scleractinians Lophelia pertusa andMadrepora
oculata, give this habitat a very low resilience, and make it particularly
vulnerable to trawling impacts.
The Darwin Mounds illustrate the importance of the precautionary
principle in marine conservation, especially for deep-water ecosystems.
Following the initial discovery, a unique set of political circumstances
caused the area to be protected within a few years (revision of the EU
Common Fisheries Policy, the Greenpeace judgement, the Greenpeace
and WWF campaigns on deep-sea conservation; De Santo, 2013). At
that time, details of ecosystem functioning and benthic processes in
the area were not known. Insights into the vulnerability of this habitat
and its low resilience only came to light at a later stage. However, as a
result of the relatively swift procedure, even if severe impacts to the
Eastern Darwin Mounds could not be avoided, the Western Darwin
Mounds escapedmajor trawling damage, and seem to have maintained
a stable live coral population. We cannot predict how the Eastern Dar-
winMounds will now evolve, if recovery will be possible, or which ben-
thic communities will establish in the process. The current status of the
scleractinians Lophelia and Madrepora of the Eastern Mounds does not
look positive, but the reefs formed by the coral rubble still form an im-
portant hard-substratum habitat in a setting characterised by mobile
sands. In addition, the high abundance of xenophyophores in the area
forms a further incentive for protection. Increasingly, xenophyophores
such as Syringammina are also recognised as autigenic ecosystem engi-
neers, creating habitat structure for meio- and macrofauna, increasingdeep-sea biological heterogeneity, faunal density and species richness
(Levin and Gooday, 1992; Ashford et al., 2014). They are also listed as
VME indicator species (NEAFC, 2014).
Taking the concept of deep-sea conservation one step further, Van
Dover et al. (2014) recently opened the debate on the feasibility of
deep-sea ecological restoration, using the Darwin Mounds as a possible
example. Ecological restoration, deﬁned as the process of assisting the
recovery of an ecosystem that has been degraded, damaged or
destroyed, is much more common in the terrestrial environment than
in the deep sea. Evaluating socio-economic, ecological and technological
considerations, Van Dover et al. (2014) concluded that the overall bal-
ance would be moderately in favour of a (limited) restoration project
in the Darwin Mounds, with estimated cost of US$4.8 million. Given
our limited in situ observations of scleractinian regrowth or
recolonisation in the Eastern Darwin Mounds, the outcome of such an
experiment may be uncertain. Limiting the damage in the ﬁrst place,
by correctly applying the precautionary principle, may be themore sus-
tainable and economical approach, as demonstrated by the success of
the closure in the Western Darwin Mounds. A recent study by
Aanesen et al. (2015) has shown that there is a willingness among the
wider public to pay for such protection measures. The possibility that
cold-water corals play an important role as ﬁsh habitat was quoted as
the singlemost important reason for participants in the study to support
protection measures.
By closing areas for ﬁshing and other direct human impacts, effec-
tively ‘control’ areas are created against which the ecosystem develop-
ment of non-MPA areas can be compared in the future (Ballantine,
2014). VMS data, if available, can be used to monitor ﬁshing intensity
both inside (checking on compliance) and outside (evaluating ﬁshing
effort) the MPAs. The inﬂuence of ﬁshing can then be tested and quan-
tiﬁed in comparative studies of the benthic environment, based on a
similar approach as illustrated here.
Although slowly gaining momentum, the designation of MPA net-
works in deep water is still in its infancy. As a result, very limited infor-
mation is available about the effectiveness of conservation measures,
and the potential recovery of deep-sea ecosystems. Deep-water habitats
are difﬁcult to access, while potential conservation areas are oftenmuch
more extensive than shallow-water MPAs, making environmental sur-
veys expensive and limited. Often no adequate pre-impact data are
available, limiting the possibilities for a quantitative assessment of the
status of the benthic community before and after closure. However, as
our study has shown, in the case of habitats created by (single) ecosys-
tem engineering species, a ﬁrst-level assessment can bemade, and may
provide valuable information. In the longer term, there is a need for con-
tinued monitoring of MPAs, including those designated in deeper wa-
ters. It is likely that autonomous and robotic underwater systems, as
used in this study, will play an important role in this respect (Wynn
et al., 2014; Morris et al., 2014).
Supplementary data to this article can be found online at http://dx.
doi.org/10.1016/j.biocon.2016.05.030.
Acknowledgements
This research was funded through the NERCMAREMAP programme
and the ERC CODEMAP project (StartingGrant no. 258482). The original
discovery of the Darwin Mounds and ﬁrst seabed investigations were
funded by the Atlantic Frontier Environmental Network (AFEN) and
the EU FP5 project ACES (Atlantic Coral Ecosystem Study, Contract no.
EVK3-CT-1999-00008). The follow-up survey was part of MAREMAP
and CODEMAP, and received further support from the Lenfest Ocean
Programme (PEW Foundation) and the Joint Nature Conservation Com-
mittee (JNCC) for the ROV work. The authors would like to thank the
Captains, Crews and Scientiﬁc Parties of all the cruises, especially the
Autosub6000 team during JC060. We are very grateful to the three re-
viewers for their supportive comments, which helped to focus the
manuscript.
68 V.A.I. Huvenne et al. / Biological Conservation 200 (2016) 60–69References
Aanesen, M., Armstrong, C., Czajkowski, M., Falk-Petersen, J., Hanley, N., Navrud, S., 2015.
Willingness to pay for unfamiliar public goods: preserving cold-water coral in
Norway. Ecol. Econ. 112, 53–67.
Althaus, F., Williams, A., Schlacher, T.A., Kloser, R.J., Green, M.A., Barker, B.A., Bax, N.J.,
Brodie, P., Schlacher-Hoenlinger, M.A., 2009. Impacts of bottom trawling on deep-
coral ecosystems of seamounts are long-lasting. Mar. Ecol. Prog. Ser. 397, 279–294.
Armstrong, C.W., van den Hove, S., 2008. The formation of policy for protection of cold-
water coral off the coast of Norway. Mar. Policy 32, 66–73.
Ashford, O.S., Davies, A.J., Jones, D.O.B., 2014. Deep-sea benthic megafaunal habitat suit-
ability modelling: a global-scale maximum entropy model for xenophyophores.
Deep-Sea Res. I 94, 31–44.
Baillon, S., Hamel, J.-F., Wareham, V.E., Mercier, A., 2012. Deep cold-water corals as nurs-
eries for ﬁsh larvae. Front. Ecol. Environ. 10, 351–356.
Ballantine, B., 2014. Fifty years on: lessons from marine reserves in New Zealand and
principles for a worldwide network. Biol. Conserv. 176, 297–307.
Bauer, D.F., 1972. Constructing conﬁdence sets using rank statistics. J. Am. Stat. Assoc. 67,
687–690.
Becker, E.L., Cordes, E., Macko, S.A., Fisher, C.R., 2009. Importance of seep primary produc-
tion to Lophelia pertusa and associated fauna in the Gulf of Mexico. Deep-Sea Res. I 56,
786–800.
Benn, A.R., Weaver, P.P., Billett, D.S.M., van den Hove, S., Murdock, A.P., Doneghan, G.B., Le
Bas, T., 2010. Human activities on the deep seaﬂoor in the North East Atlantic: an as-
sessment of spatial extent. PLoS One 5, e12730.
Bett, B.J., 1999. RRS Charles Darwin Cruise 112C, 19 May–24 June 1998. Atlantic Margin
Environmental Survey: Seabed Survey of Deep-Water Areas (17th Round Tranches)
to the North and West of Scotland. Southampton Oceanography Centre, Southamp-
ton, p. 117.
Bett, B.J., 2001. UK Atlantic margin environmental survey: introduction and overview of
bathyal benthic ecology. Cont. Shelf Res. 21, 917–956.
Bett, B.J., 2007. RRS Charles Darwin Cruise 123C3-4, 19 Jul–15 Sep 2000. Atlantic Margin
Environmental Surveys and North Sea Environmental Surveys. National Oceanogra-
phy Centre, Southampton, p. 221.
Bett, B.J., Jacobs, C.L., 2007. RRS Charles Darwin Cruise 119C Leg B, 13 Aug–14 Sep 1999.
White Zone (WhiZ) Environmental Survey: Seabed Survey of the Deep Waters to the
North and West of Shetland. National Oceanography Centre, Southampton, p. 120.
Bett, B.J., Billet, D.S.M., Masson, D.G., Tyler, P.A., 2001. RRS Discovery Cruise 248— A Mul-
tidisciplinary Study of the Environment and Ecology of Deep-Water Coral Ecosystems
and Associated Seabed Facies and Features (the DarwinMounds, Porcupine Bank and
Porcupine Seabight). Southampton Oceanography Centre, p. 52.
Bongiorni, L., Mea, M., Gambi, C., Pusceddu, A., Taviani, M., Danovaro, R., 2010. Deep-
water scleractinian corals promote higher biodiversity in deep-sea meiofaunal as-
semblages along continental margins. Biol. Conserv. 143, 1687–1700.
Costello, M.J., McCrea, M., Freiwald, A., Lundalv, T., Jonsson, L., Bett, B.J., van Weering,
T.C.E., de Haas, H., Roberts, J.M., Allen, D., 2005. Role of cold-water Lophelia pertusa
coral reefs as ﬁsh habitat in the NE Atlantic. In: Freiwald, A., Roberts, J.M. (Eds.),
Cold-Water Corals and Ecosystems. Springer-Verlag, Heidelberg, pp. 771–805.
Davies, A.J., Roberts, J.M., Hall-Spencer, J., 2007. Preserving deep-sea natural heritage: emerg-
ing issues in offshore conservation and management. Biol. Conserv. 138, 299–312.
de Haas, H., Huvenne, V., Wheeler, A., Unnithan, V., Shipboard Scientiﬁc Crew, 2002. A
TOBI side scan sonar survey of cold water coral carbonate mounds in the Rockall
Trough and Porcupine Sea Bight, RV Pelagia cruise M2002 (64PE197). Cruise Report.
Royal Netherlands Institute for Sea Research (NIOZ), Den Helder, p. 44.
De Santo, E.M., 2013. The Darwin Mounds special area of conservation: implications for
offshore marine governance. Mar. Policy 41, 25–32.
De Santo, E., Jones, P.J.S., 2007. Offshore marine conservation policies in the North East At-
lantic: emerging tensions and opportunities. Mar. Policy 31, 336–347.
FAO, 2009. International Guidelines for the Management of Deep-Sea Fisheries in the
High Seas (Rome) p. 73.
Fosså, J.H., Mortensen, P.B., Furevik, D.M., 2002. The deep-water coral Lophelia pertusa in
Norwegian waters: distribution and ﬁshery impacts. Hydrobiologia 471, 1–12.
Foubert, A., Huvenne, V.A.I., Wheeler, A.J., Kozachenko, M., Opderbecke, J., Henriet, J.P.,
2011. The Moira Mounds: small cold-water coral mounds in the Porcupine Seabight,
NE Atlantic: part B — evaluating the impact of sediment dynamics through high-
resolution ROV-borne bathymetric mapping. Mar. Geol. 282, 65–78.
Gass, S.E., Roberts, J.M., 2006. The occurrence of the cold-water coral Lophelia pertusa
(Scleractinia) on oil and gas platforms in the North Sea: colony growth, recruitment
and environmental controls on distribution. Mar. Pollut. Bull. 52, 549–559.
Gooday, A.J., Tendal, O.S., 2000. Class Xenophyophorea Schulze 1904. In: Lee, J.J., Leedale,
G.F., Bradbury, P. (Eds.), An Illustrated Guide to the Protozoa, second ed. Vol. 2. Soci-
ety of Protozoologists/Allen Press, Lawrence, Kansas, USA, pp. 1086–1097.
Guillemot, N., Chabanet, P., Le Pape, O., 2010. Cyclone effects on coral reef habitats in New
Caledonia (South Paciﬁc). Coral Reefs 29, 445–453.
Hall-Spencer, J., Allain, V., Helge Fosså, J.H., 2002. Trawling damage to Northeast Atlantic
ancient coral reefs. Proc. R. Soc. Lond. B 269, 507–511.
Heifetz, J., Stone, R.P., Shotwell, S.K., 2009. Damage and disturbance to coral and sponge
habitat of the Aleutian Archipelago. Mar. Ecol. Prog. Ser. 397, 295–303.
Helson, J., Leslie, S., Clement, G., Wells, R., Wood, R., 2010. Private rights, public beneﬁts:
industry-driven seabed protection. Mar. Policy 34, 557–566.
Henry, L.A., Roberts, J.M., 2007. Biodiversity and ecological composition of macrobenthos
on cold-water coral mounds and adjacent off-mound habitat in the bathyal Porcu-
pine Seabight. Deep-Sea Res. I 54, 654–672.
Howell, K.L., Huvenne, V., Piechaud, N., Robert, K., Ross, R.E., 2014. Analysis of biological
data from the JC060 survey of areas of conservation interest in deep waters off
north and west Scotland. JNCC Report 528, p. 105.Hughes, J.A., Gooday, A.J., 2004. Associations between living benthic foraminifera and
dead tests of Syringammina fragilissima (Xenophyophorea) in the DarwinMounds re-
gion (NE Atlantic). Deep-Sea Res. I 51, 1741–1758.
Hühnerbach, V., Blondel, P., Huvenne, V.A.I., Freiwald, A., 2008. Habitat mapping of a cold-
water coral reef off Norway: a comparison of visual and computer-assisted methods
to interpret sidescan sonar data. In: Todd, B.J., Greene, H.G. (Eds.), Mapping the Sea-
ﬂoor for Habitat Characterisation. Geological Association of Canada, St John's, Canada,
pp. 297–308.
Huvenne, V.A.I., 2011. RRS James Cook Cruise 60, 09 May–12 June 2011. In: Centre, N.O.
(Ed.), Benthic Habitats and the Impact of Human Activities in Rockall Trough, on
Rockall Bank and in Hatton BasinCruise Reports. National Oceanography Centre,
Southampton, Southampton, p. 133.
Huvenne, V.A.I., McPhail, S.D., Wynn, R.B., Furlong, M., Stevenson, P., 2009a. Mapping
giant scours in the deep ocean. Eos 90, 274–275.
Huvenne, V.A.I., Masson, D.G., Wheeler, A.J., 2009b. Sediment dynamics of a sandy
contourite: the sedimentary context of the Darwin cold-water coral mounds, North-
ern Rockall Trough. Int. J. Earth Sci. 98, 865–884.
JNCC, 2015. Latest changes to the UK SAC list. http://jncc.defra.gov.uk/page-1488
(accessed 23/05/2016).
Kiriakoulakis, K., Bett, B.J., White, M., Wolff, G.A., 2004. Organic biogeochemistry of the
Darwin Mounds, a deep-water coral ecosystem, of the NE Atlantic. Deep-Sea Res. I
51, 1937–1954.
Knowlton, N., Lang, J.C., Rooney, M.C., Clifford, P., 1981. Evidence for delayed mortality in
hurricane-damaged Jamaican staghorn corals. Nature 294, 251–252.
Larsson, A.I., Purser, A., 2011. Sedimentation on the cold-water coral Lophelia pertusa:
cleaning efﬁciency from natural sediments and drill cuttings. Mar. Pollut. Bull. 62,
1159–1168.
Le Bas, T.P., Huvenne, V.A.I., 2009. Acquisition and processing of backscatter data for hab-
itat mapping — comparison of multibeam and sidescan systems. Appl. Acoust. 70,
1248–1257.
Le Goff-Vitry, L.C., Pybus, O.G., Rogers, A.D., 2004. Genetic structure of the deep-sea coral
Lophelia pertusa in the northeast Atlantic revealed by microsatellites and internal
transcribed spacer sequences. Mol. Ecol. 13, 537–549.
Levin, L.A., Gooday, A.J., 1992. Possible roles for xenophyophores in deep-sea carbon cy-
cling. In: Rowe, G.T., Pariente, V. (Eds.), Deep-Sea Food Chains and the Global Carbon
Cycle. Kluwer Academic, Dordrecht, pp. 93–104.
Masson, D.G., Jacobs, C.L., 1999. RV Colonel Templer Cruises 01 & 02/98, 22 Apr–18 Jun
1998. TOBI Surveys of the Continental Slope North and West of
ScotlandSouthampton Oceanography Centre Cruise Report, 22. Southampton Ocean-
ography Centre, Southampton, UK (66pp.).
Masson, D.G., Bett, B.J., Billett, D.S.M., Jacobs, C.L., Wheeler, A.J., Wynn, R.B., 2003. The or-
igin of deep-water, coral-topped mounds in the northern Rockall Trough, Northeast
Atlantic. Mar. Geol. 194, 159–180.
Morris, K.J., Bett, B.J., Durden, J.M., Huvenne, V.A.I., Milligan, R., Jones, D.O.B., McPhail, S.,
Robert, K., Bailey, D.M., Ruhl, H.A., 2014. A new method for ecological surveying of
the abyss using autonomous underwater vehicle photography. Limnol. Oceanogr.
Methods 12, 795–809. http://dx.doi.org/10.4319/lom.201.12.795.
Mortensen, P.B., Hovland, M., Brattegard, T., Farestveit, R., 1995. Deep water bioherms of
the scleractinian coral Lophelia pertusa (L.) at 64°N on the Norwegian shelf: structure
and associated megafauna. Sarsia 80, 145–158.
NEAFC, 2014. Recommendation 19:2014. Recommendation on the Protection of Vulnera-
ble Marine Ecosystems in the NEAFC Regulatory Area. p. 24.
Pala, C., 2013. Giant marine reserves pose vast challenges. Science 339, 640–641.
Puig, P., Canals, M., Company, J.B., Martín, J., Amblas, D., Lastras, G., Palanques, A., Calafat,
A.M., 2012. Ploughing the deep sea ﬂoor. Nature 489, 286–289.
Pusceddu, A., Bianchelli, S., Martín, J., Puig, P., Palanques, A., Masqué, P., Danovaro, R.,
2014. Chronic and intensive bottom trawling impairs deep-sea biodiverstity and eco-
system functioning. PNAS 111, 8861–8866.
Reed, J.K., Koenig, C.C., Shepard, A.N., 2007. Impacts of bottom trawling on a deep-water
Oculina coral ecosystem off Florida. Bull. Mar. Sci. 81, 481–496.
Rice, W.R., 1989. Analyzing tables of statistical tests. Evolution 43, 223–225.
Roberts, J.M., Wheeler, A.J., Freiwald, A., Cairns, S.D., 2009. Cold-Water Corals: The Biology
and Geology of Deep-Sea Coral Habitats. Cambridge University Press, Cambridge.
Rogers, A.D., 1999. The biology of Lophelia pertusa (LINNAEUS 1758) and other deep-
water reef-forming corals and impacts from human activities. Int. Rev. Hydrobiol.
84, 315–406.
Rooper, C.N., Wilkins, M.E., Rose, C.S., Coon, C., 2011. Modeling the impacts of bottom
trawling and the subsequent recovery rates of sponges and corals in the Aleutian
Islands, Alaska. Cont. Shelf Res. 31, 1827–1834.
Ross, R.E., Howell, K.L., 2013.Useof predictive habitatmodelling to assess thedistribution and
extent of the current protection of ‘listed’ deep-sea habitats. Divers. Distrib. 19, 433–445.
Sainsbury, K.J., Campbell, R.A., Lindholm, R., Whitelaw, A.W., 1997. Experimental manage-
ment of an Australian multispecies ﬁshery: examining the possibility of trawl-
induced habitat modiﬁcation. In: Pikitch, K., Huppert, D., Sissenwine, M.P. (Eds.),
Global Trends: Fisheries Management. American Fisheries Society, Bethesda,
Maryland, pp. 107–112.
Schwinghamer, P., Gordon Jr., D.C., Rowell, T.W., Prena, J., McKeown, D.L., Sonnichsen, G.,
Guigné, J.Y., 1998. Effects of experimental otter trawling on surﬁcial sediment prop-
erties of a sandy-bottom ecosystem on the Grand Banks of Newfoundland. Conserv.
Biol. 12, 1215–1222.
Shester, G., Ayers, J., 2005. A cost effective approach to protecting deep-sea coral and
sponge ecosystems with an application to Alaska's Aleutian Islands region. In:
Freiwald, A., Roberts, J.M. (Eds.), Cold-Water Corals and Ecosystems. Springer-Verlag,
Heidelberg, pp. 1151–1169.
Siegel, S., Castellan, N.J., 1988. Nonparametric Statistics for the Behavioural Sciences.
McGraw-Hill, New York.
69V.A.I. Huvenne et al. / Biological Conservation 200 (2016) 60–69Söffker, M., Sloman, K.A., Hall-Spencer, J.M., 2011. In situ observations of ﬁsh associated
with coral reefs off Ireland. Deep-Sea Res. I 58, 818–825.
Tuck, I.D., Hall, S.J., Robertson, M.R., Armstrong, E., Basford, D.J., 1998. Effects of physical
trawling disturbance in a previously unﬁshed sheltered Scottish sea loch. Mar. Ecol.
Prog. Ser. 162, 227–242.
UNGA, 2006. Resolution 61/105. Sustainable Fisheries, Including through the 1995 Agree-
ment for the Implementation of the Provisions of the United Nations Convention on
the Law of the Sea of 10 December 1982 Relating to the Conservation and Manage-
ment of Straddling Fish Stocks and highly Migratory Fish Stocks, and Related Instru-
ments, United Nations. p. 21.
UNGA, 2009. Resolution 64/72. Sustainable Fisheries, Including through the 1995 Agree-
ment for the Implementation of the Provisions of the United Nations Convention on
the Law of the Sea of 10 December 1982 Relating to the Conservation and Manage-
ment of Straddling Fish Stocks and highly Migratory Fish Stocks, and Related Instru-
ments, United Nations. p. 26.
Van Dover, C.L., Aronson, J., Pendleton, L., Smith, S., Arnaud-Haond, S., Moreno-Mateos, D.,
Barbier, E., Billett, D., Bowers, K., Danovaro, R., Edwards, A., Kellert, S., Morato, T.,
Pollard, E., Rogers, A., Warner, R., 2014. Ecological restoration in the deep sea: Desid-
erata. Mar. Policy 44, 98–106.
Victorero, L., Blamart, D., Pons-Branchu, E., Mavrogordato, M., Huvenne, V.A.I., 2015. Re-
construction of the formation history of the Darwin Mounds, N Rockall Trough:how the dynamics of a sandy contourite affected cold-water coral growth. Mar.
Geol. http://dx.doi.org/10.1016/j.margeo.2015.12.001 (online).
Waller, R.G., Tyler, P.A., 2005. The reproductive biology of two deep-water, reef-building
scleractinians from the NE Atlantic Ocean. Coral Reefs 24, 514–522.
Watling, L., Norse, E.A., 1998. Disturbance of the seabed bymobile ﬁshing gear: a compar-
ison to forest clearcutting. Conserv. Biol. 12, 1180–1197.
Wheeler, A.J., Bett, B.J., Billet, D.S.M., Masson, D.G., Mayor, D., 2005. The impact of demer-
sal trawling on NE Atlantic deep-water coral habitats: the case of the Darwin
Mounds, UK. In: Barnes, P.W., Thomas, J.P. (Eds.), Benthic Habitats and the Effects
of Fishing. America Fisheries Society, Bethesda, Maryland, pp. 807–817.
Wheeler, A.J., Kozachenko, M., Masson, D.G., Huvenne, V.A.I., 2008. Inﬂuence of benthic
sediment transport on cold-water coral bank morphology and growth: the example
of the Darwin Mounds, NE Atlantic. Sedimentology 55, 1875–1887.
Williams, A., Schlacher, T.A., Rowden, A.A., Althaus, F., Clark, M.R., Bowden, D.A., Stewart,
R., Bax, N.J., Consalvey, M., Kloser, R.J., 2010. Seamount megabenthic assemblages fail
to recover from trawling impacts. Mar. Ecol. 31, 183–199.
Wynn, R.B., Huvenne, V.A.I., Le Bas, T.P., Murton, B.J., Connelly, D.P., Bett, B.J., Ruhl, H.A.,
Morris, K.J., Peakall, J., Parsons, D.R., Sumner, E.J., Darby, S.E., Dorrell, R.M., Hunt, J.E.,
2014. Autonomous underwater vehicles (AUVs): their past, presence and future con-
tributions to the advancement of marine geoscience. Mar. Geol. 352, 451–468.
